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Abstract

Published: November 2, 2016

The Indo-Pacific Red Lionfish was first reported off the Florida coast in 1985, following
which it has spread across much of the SE USA, Gulf of Mexico, and Caribbean Sea. Lionfish negatively impact fish and invertebrate assemblages and abundances, thus further
spread is cause for concern. To date, the fish has not been reported on the Pacific coast of
North or Central America. Here we examine the possibility of ballast water transfer of lionfish from colonized areas in the Atlantic Ocean to USA ports on the Pacific coast. Over an
eight-year period, we documented 27 commercial vessel-trips in which ballast water was
loaded in colonized sites and later discharged untreated into Pacific coast ports in the USA.
California had the highest number of discharges including San Francisco Bay and Los
Angeles-Long Beach. A species distribution model suggests that the probability of lionfish
establishment is low for the western USA, Colombia and Panama, low to medium for Costa
Rica, Nicaragua, El Salvador and Guatemala, medium to high for mainland Ecuador, and
very high for western Mexico, Peru and the Galapagos Islands. Given the species’ intolerance of freshwater conditions, we propose that ballast water exchange be conducted in
Gatún Lake, Panama for western-bound vessels carrying ‘risky’ ballast water to prevent
invasion of the eastern Pacific Ocean.
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Fishes have been introduced globally by vectors including sport-fish, food-fish and ornamental-fish industries, by human-created waterways, and by foreign ballast water carried and discharged by ships into novel environments. Ballast water is a proven method for species
transfer. Wonham et al. [1] identified 32 fish species that were transported and introduced to a
new location via ballast water, 24 of which established viable populations at the new site. Rahel
[2] reported that five of 54 fish species introduced into the Nearctic region arrived via ships'
ballast water.
Lionfish are native to the Indo-Pacific region, but have staged some of the world’s most
spectacular and problematic invasions of global marine ecosystems, including the Caribbean
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Sea [3]. The species was first reported off the Florida coast in 1985, but later spread along the
southeastern coast of the USA, throughout the Gulf of Mexico, and across the entirety of the
Caribbean Sea including northern South America [4–6].
Introduced lionfish comprise two morphologically similar but genetically distinct species, the
Red Lionfish Pterois volitans and the Devil Firefish P. miles (hereafter collectively referred to as
lionfish) [7]. Both fishes are members of the family Scorpaenidae (scorpionfishes), two members
of which have been reported in ballast water [1]. Johnston and Purkis [8] suggested that P. miles
may have been transported into the Mediterranean Sea from the Suez Canal by ballast transfer,
while Whitfield et al. [9] speculated that P. volitans could also be transferred by ballast water;
however, Wonham et al.’s [1] survey identified neither lionfish species in ballast water.
Given their strong ecological impacts on fish and invertebrate communities in the Atlantic
Ocean [10–12] there is growing concern that lionfish might replicate these effects if intentionally released [13] or accidentally discharged with ballast water [14] into the eastern Pacific
Ocean. In this study we assess risk of dispersal and suitability of possible recipient areas in the
eastern Pacific Ocean using shipping traffic data for the USA and a species distribution model
(SDM), respectively.

Methods
We utilized the National Ballast Information Clearinghouse (NBIC) database [15] for the years
2006 to 2013 inclusive to determine how many ships discharged and the number and volume
of discharges of ‘risky’ ballast water that occurred into Pacific coast ports of the USA. Risky ballast water is defined as that which was loaded at a port in the eastern USA, Gulf of Mexico or
Caribbean Sea—in an area where lionfish have been reported—following which the vessel
crossed through the Panama Canal and discharged this water into a Pacific coast port without
first conducting ballast water treatment or exchange. While the USA receives about 100,000
vessel arrivals per year, the number of vessels that conform to each of the aforementioned specific requirements is dramatically lower. Reports were submitted by ships' crews to the National
Ballast Information Clearinghouse maintained by the Smithsonian Institution as vessels
entered the USA. We utilized information from this database regarding ballast management,
including coordinates of loading, exchange, and discharge.
Environmental suitability of recipient areas on the west coast of North America and Central
America were modeled using an SDM; Hawaii was excluded from analysis. While SDMs have a
number of built-in assumptions, they have proven useful in a large number of cases in identifying potentially inhabitable habitats [16,17]. As the statistical basis of the SDM, we used a General Additive Model (GAM), and the mcgv library [18] in R 3.3.0 [19]. GAMs have been shown
to perform well and produce robust predictions, even for complex relationships [20].
The GAM model was built using environmental conditions to discriminate between presences and pseudoabsences at different locations in the invaded range in the Atlantic Ocean,
using a binomial family and logit link function. We obtained environmental data provided by
AquaMaps [21] at a scale of 0.5 degree latitude x 0.5 degree longitude cells worldwide. AquaMaps represents a valuable source as it provides environmental data for several dozen variables. All lionfish presence points on the east coast -spanning the years 1992 to 2015
(September)—were obtained from the U.S. Geological Survey [22], and matched to the nearest
Aquamaps environmental cell, resulting in 383 unique presence cells. Lionfish occurrences and
environmental data were not matched temporally. Instead, multi-year annual averages were
used, as supplied and compiled from a variety of sources by AquaMaps.
We did not include data from lionfish’s native range, as key environmental characteristics
(e.g. depth of occurrence) from this area are too conservative given lionfish occurrences in the
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invaded range. Evangelista et al. [23] noted that invaded range alone or the invaded range combined with native range provided better predictions of where lionfish occurred in the Western
Atlantic Ocean than native range alone. Pseudoabsences were taken as all other cells within
two-degree longitude of the eastern coastline of the Americas to match with distances of presence cells to the coastline (377/383 cells were within 2 degrees longitude). Given the relative
roughness of the environmental cells, we did not need to randomly sample pseudoabsences,
but instead included all cells not containing a lionfish occurrence point, resulting in 2640
unique pseudoabsence cells.
We considered 18 variables (area in the cell from 0–20m, 20–40m, 40–60m, 60–80m, and
80–100m in km2,, minimum, maximum and mean depth (m), minimum, max, mean, and
range of sea surface temperatures (SST) (°C), minimum, max, mean of salinity (‰), sea bottom
temperature (°C), salinity bottom mean (‰), and estuary area (km2)) of which 12 remained
after removing highly collinear ones (r>0.8): five variables relating to areal size at different
depths (area in the cell from 0–20m, 20–40m, 40–60m, 60–80m, and 80–100m in km2), minimum and mean depth (m), mean annual range of sea surface temperatures (SST)(°C), mean
annual minimum SST (°C), mean annual sea bottom temperature (SBT)(°C), mean annual
salinity (‰), and estuary area (km2). The initial subset of 18 variables mentioned above performed better and contained more biologically relevant variables in the final model than when
we considered a larger complement of variables.
To determine the final model, we removed each variable one at a time, and compared the
adjusted pseudo-r2 of the reduced model to the full model, and kept those variables that
uniquely explained >1% of the variation. This is analogous to a Type III Sum of Squares procedure, except that we did not rely on statistical significance as our metric determining variable
retention, because our use of pseudoabsences made the degrees of freedom questionable, and
the effect size (r2) was arguably a more meaningful metric of fit (and was more conservative).
We used the resulting variable list to create the final SDM, and present both the final pseudo
r2adj as well as the Area Under the Curve (AUC) value of a Receiver Operating Curve (ROC) as
a common measure of discrimination between presences and absences, using the pROC library
in R [24]. Then, we conducted a sensitivity analysis of establishment probabilities associated
with each variable in the final model. For each variable in turn, we increased the value incrementally from the minimum to the maximum observed across the east coast, holding all other
variables at the mean value where lionfish occur; therefore, these values should reflect permissive conditions. This analysis provided information on which variable was critical to a high
probability of establishment. We applied the SDM to the west coast of the Americas to estimate
probability of establishment, given sufficient propagules. Finally, a geographic information system was utilized to map the spatial distribution of model results. Five probability classifications
were established and plotted using an equal interval approach (Fig 1).

Results
United States ballast water records indicated a total of 27 vessel-trips between 2006 through
2013 in which ballast water was loaded in ports known to be inhabited by lionfish, with subsequent passage of those vessels through the Panama Canal and discharge of untreated ballast
water into western USA ports. The top recipient area was San Francisco Bay, California, with
three vessels discharging into each of Oakland, Richmond, and San Francisco plus one into
Benicia (Table 1). The combined ports of Los Angeles—Long Beach, California were next highest, with eight vessels discharging risky ballast water, followed by Portland, Oregon with three
(Table 1). Six other areas in California, Oregon, or Washington each received single ships that
discharged eastern-sourced ballast water. Los Angeles received the largest number of ballast
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Fig 1. Predicted suitability for lionfish on the west coast of North, Central and South America. Made with
Natural Earth.
doi:10.1371/journal.pone.0165584.g001

tank discharges (26), followed by Oakland, Richmond, and Portland (Table 1). However, the
largest volumetric discharges occurred into Los Angeles and San Francisco (Table 1).
We found that seven variables—areas less than 20m depth, minimum depth, mean depth,
mean annual salinity and mean annual minimum SST and mean annual Sea Bottom Temperature (SBT), as well as mean annual range of SST- all explained at least 1% of unique variation
(Table 2). In combination, the final SDM explained 46% of the variation (pseudo-r2adj = 0.456),
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Table 1. Ports in the western USA (exclusive of Hawaii) that received discharges of untreated ballast water that was sourced from the western
Atlantic Ocean, Caribbean Sea or Gulf of Mexico where lionfish are known to occur.
Number of Vessel Trips

Volume Discharged (m3)

Number of Tanks Discharged

Los Angeles/Long Beach, CA

8

24096

29

Portland, OR

3

3094

5

San Francisco, CA

3

11785

4

Location

Richmond, CA

3

4141

5

Oakland, CA

3

1250

6

Longview, WA

1

706

1

Astoria, OR

1

77

1

Tacoma, WA

1

710

3

Everett, WA

1

182

2

Benicia, CA

1

1366

4

San Diego, CA

1

142

1

Seattle, WA

1

147

2

doi:10.1371/journal.pone.0165584.t001

and yielded an AUC value of 0.95 indicating strong discriminatory power. For our sensitivity
analysis, we started with the mean value of observed lionfish occurrences for each environmental variable in the final SDM. At these mean values, the probability of establishment was 0.53.
Modifying each variable in isolation suggested that, within the range occurring on the east
coast, mean annual minimum sea surface temperature, mean annual range of SST and mean
salinity were critical to establishment (Fig 2). Amount of area less than 20m, minimum and
mean depth and mean annual sea bottom temperature had much smoother, less pronounced
relations with probability of establishment across the range of values observed on the east coast
(Fig 2).
Application of the final SDM to the west coast produced the full range of probabilities of
establishment, from zero to 0.988, with the highest risks in Mexico, Peru and the Galapagos
Islands (Fig 1). Other high risk regions include Peru and Ecuador (Fig 1). In western Panama,
risk of establishment ranged from a low of 0.018 to a high of 0.11, with a mean of 0.04. Probability of establishment was >0.1 for 19.4% of cells, >0.5 for 8.0% of cells, and >0.8 for 7.5% of
cells. Probability of establishment was low for all locations in the western USA, including contiguous states plus Alaska (Fig 1).

Discussion
Our study revealed that a number of ports in the western United States received untreated ballast water that was sourced from ports where lionfish have been reported. Los Angeles received
Table 2. Factors retained and their weightings in species distribution model to determine potential
range of lionfish if introduced to the west coast.
Variable

Unique Variance Explained

Area (km2) less than 20m depth

0.028

Minimum bathymetry (m) negative elevation

0.022

Mean bathymetry (m) negative elevation

0.012

Mean annual SST range (˚C)

0.093

Mean annual minimum SST (˚C)

0.078

Mean annual SBT (˚C)

0.010

Mean annual salinity (‰)

0.034

doi:10.1371/journal.pone.0165584.t002
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Fig 2. Relationship between predicted establishment probability and key environmental parameters.
doi:10.1371/journal.pone.0165584.g002

the greatest number of ship trips in which Atlantic Ocean ballast was discharged, the largest
number of tanks emptied, and the largest volume of ‘risky’ ballast water. Its sister port of Long
Beach had additional discharges. The other principal discharge region where discharges
occurred on the west coast was San Francisco Bay, encompassing the ports of Oakland, San
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Francisco, Richmond and Benicia. The most southern port, San Diego, had only a single vessel
that discharged a relatively low-volume ballast tank (142 m3). Portland, Oregon is located on
the Columbia River, and thus would be non-vulnerable to colonization even if it received high
propagule pressure.
Ballast water is drawn in through a sea chest, which has a screen at the entrance to prevent
large individuals or debris from entering ballast tanks. Routine pore size on these screens
(holes 15–25mm diameter or slots 20–35mm width [25]) can equal or exceed the size of many
larval fishes, including lionfish whose reported larval stages range from 1.5 to 11mm [26–28].
Cross-sectional area of these fishes is the more relevant metric and would be even smaller.
Most fishes recovered in ballast tanks are juveniles or are otherwise small individuals [1].
Owing to their small size, we anticipate that larval lionfish could be drawn into sea chests
without injury when taken up prior to settlement, which occurs between 20 and 35 days after
hatching [29]. These individuals could easily fit through sea chests and their associated coarsesized grates. For example, a 15–16 day old larval individual is ~ 8mm standard length [28], and
at settlement is between 10 and 12mm [30]. Furthermore, given that lionfish can reproduce
every 2–4 days and produce up to 25,000 eggs per reproductive bout or approximately two million eggs per year [31,32], it seems likely that larval lionfish will be taken up through sea chests
at some frequency. In addition, sea chests without proper maintenance are likely to have even
larger sized holes in their intake grating, allowing larger individuals to be uploaded. For example, the grates on some operational vessels are lost or compromised [Ruiz, pers. obs.], and fish
as large as 39.2 cm been found in ballast tanks [1]. The extent to which lionfish can survive
entry into the tank and during transit in ballast water until the time of discharge are essential
but unanswered questions.
Being introduced to a site is the second of three prerequisites for successful establishment
by a nonindigenous species [1]. Species must then establish a successfully reproducing population. Johnston and Purkis [14] modeled areas in the eastern Pacific Ocean susceptible to an
accumulation of lionfish individuals sufficient to favour establishment, and suggested that risk
from ballast discharge is highly patchy and limited mainly to Panama and Puerto Vallarta,
Mexico, with California seemingly at lower risk of population establishment. Even though
these authors argued that subsequent dispersal was unlikely due to low natural connectivity
between sites, coastal movement of vessels carrying ballast water could facilitate secondary
spread. While we lack ballast water records for Mexico and Panama, our SDM also suggests
that much of western Mexico is highly suitable for establishment of lionfish, while Panama and
California are not currently at risk (Fig 1). Models developed by Evangelista et al. [23] that
used only non-native distributions of lionfish in the training dataset also suggested that regions
of Western Mexico and Guatemala were suitable habitat for lionfish. Furthermore, FishBase
Information and Research Group (FIN) [33] developed an SDM for P. volitans that predicted
suitable habitat based on salinity, temperature, depth and other features. This model also predicted that lionfish will not survive in west coast American ports but could do very well at locations in Central America including northern Mexico. Finally, Poursanidis [34] modeled
possible distribution of P. miles and identified only the southern tip of California would provide any measure of suitable environment, though Central America had a patchy but often
higher risk.
Based upon our and other models [14,23,33,34] it would appear that even if lionfish were
introduced to west coast ports in the USA, they are unlikely to survive. However, the predicted
distribution as defined by all aforementioned models is constrained by the lack of a complete
dataset—particularly for nearshore environments including bays and estuaries—as lionfish are
still expanding their range, including to colder, lower salinity, and deeper waters. If thermal or
salinity thresholds are lower than those used by these models—as is suggested by lab studies
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and by anecdotal observation—certain parts of the country, notably the region from San Diego
to Los Angeles, could be at risk. For example, the mapping parameters [33] used as absolute
minimum and preferred minimum sea surface temperatures for P. volitans were 18°C and
21.85°C, respectively. However, lionfish have been observed in their invaded range at much
lower water temperatures (i.e. 13.8°C; [35]). Furthermore, lab studies have found that this species can acclimate to 12.5°C (Wayne Bennett, pers. comm.), has an absolute critical minimum
of 9.5°C (mean 12.67°C) [36], and a mean chronic lethal minimum of 10.0°C [37]. It should be
noted that both Barker [36] and Kimball et al. [37] used juvenile lionfish in their experiments,
which is particularly relevant since this life stage is most likely to be transferred in ballast
water.
The FIN [33] model used an absolute minimum surface salinity of 31.55‰. However, Jud
et al. [38] observed that fish held at 7‰ were no different with respect to mortality, behavior
and growth to those held at 35‰ over a 28-day period, though these results should be interpreted with caution since replication was low. However, these findings are consistent with
observations of Jud et al. [39], who identified lionfish in low salinity and temperature regions
of the Loxahatchee River. In addition, Schofield et al. [40] found that lionfish survived exposure
to a salinity of 5‰ for a maximum of 12 days before dying and were able to survive for the
duration of the experiment (32 days) at a salinity of 10‰ while continuing to feed and grow.
Thermal and salinity tolerance data for larval lionfish are largely lacking, and dependence of
species distributions models based on presence data for other life stages can therefore be risky.
It is imperative that research on tolerances be conducted for different life stages to ensure that
species distributions models reflect likely scenarios. In addition, further exploration of depth
limits is warranted. Although our model suggested a negative relationship between minimum
depth and establishment success, the pattern is reversed for mean depth (Table 2). Lionfish
have been observed at depths down to 300m even though the species’ depth limits are not well
established [28,41,42]. Remotely operated vehicle surveys may help clarify depth limits of the
species [43]. Lionfish presence is determined by a combination of temperature and depth. Individuals can be found at disproportionately greater depths in certain areas depending on
regional temperature regimes as defined by oceanic bottom structure [37,42]. This interplay
between temperature and depth may lead to erroneous conclusions that lionfish are restricted
by depth when, in fact, the limiting variable is temperature. Biases by recreational dive reports
further enforce this misconception [14].
Even though California appears to be environmentally inhospitable to survival of lionfish,
we propose that discharges of untreated ballast water from Atlantic ports be considered risky
until proven otherwise given uncertainties in models currently available. Some regions of Central and South America identified in our and other models appear to be highly suitable for
establishment of lionfish, though lack of data pertaining to potential introduction effort (i.e.
untreated ballast water discharges of Atlantic Ocean water) compromises our ability to assess
risk with greater confidence.
Our SDM identified the Galapagos Islands as highly suitable for lionfish establishment.
Keith et al. [44] previously identified lionfish as a potential invasive species for the Galapagos
Marine Reserve. Given the past history of marine invasions in the region and increased tourism
and commercial ship traffic [44,45], increased vigilance is necessary to prevent introduction of
either species to these islands. However, commercial traffic to the Galapagos Islands from outside Ecuador is not currently permitted, reducing risk of ship-mediated invasions.
Our modeling effort has a number of limitations. Our model used lionfish occurrence and
environmental parameter data from different years. If a time trend existed with respect to key
environmental parameters highlighted by our models, it is possible that one could erroneously
ascribe higher or lower importance to that variable. Our model can be refined for areas where
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lionfish might be expected to occur by utilization of datasets (i.e. HYCOM) that provide higher
spatial and/or temporal resolution. These datasets could inform predictions secondary spread
if lionfish were to colonize a given region.
Prevention of lionfish introduction to the west coast of North and Central America should
be a management priority given the pattern of spread and strong ecological impacts of these
species in the western Atlantic Ocean. One prong of this approach ought to include mandatory
ballast treatment or exchange for the relatively small number of vessels that carry ballast water
from Atlantic to Pacific coasts via the Panama Canal, exchanging saline water in ballast tanks
for freshwater from Gatún Lake. Vessels require up to 12 hours to transit the canal [46], which
may be insufficient time to complete ballast water exchange. In that case, a vessel would have
to lay up in the lake for a short period during which ballast exchange is conducted. It is not possible to lay up on the Atlantic approach to the canal system, as water salinity is too high (14.4–
24.5‰; [47]) in Limón Bay to kill lionfish. Lionfish can survive prolonged exposure to 10‰
salinity [40] and for up to 94 hours at 4‰ [38]. Considering that the canal is within and controlled by Panama, its consent would be required for any ballast discharges. The volume of salt
water discharged into the lake by vessels would be miniscule considering the very small number
of vessels that would be affected. Although it is controversial to recommend ballast water
release into a water body utilized as a drinking water source by Panamanians, marine organisms are unlikely to survive in the freshwater environment. Exchanged saltwater-ballast discharges are permitted—and mandated unless otherwise treated—into the Great Lakes, which
are also a principal drinking water source for many municipalities. In both cases, such a policy
may serve to reduce risk of biological invasions.

Conclusions
Lionfish have quickly spread across the SE Atlantic coastline of the USA [4,5,9], with strong
ecological effects [10–12]. We forecasted possible spread to the western USA via ballast water
transfer in vessels using the Panama Canal. Twenty-seven vessels were identified that discharged ‘risky’ ballast water to ports in California, Oregon and Washington state. A Species
Distribution Model revealed that current conditions in these ports would likely be inhospitable
to lionfish establishment, though other countries in Central and South America would be
highly suitable.
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Kramer-Schadt S, Niedballa J, Pilgrim JD, Schröder B, Lindenborn J, Reinfelder V, et al. The importance of correcting for sampling bias in MaxEnt species distribution models. Divers Distrib. 2013; 19:
1366–1379. doi: 10.1111/ddi.12096

18.

Wood SN. Generalized additive models: an introduction with R. Boca Raton FL: CRC Press; 2006.

19.

R Development Core Team. R: A Language and Environment for Statistical Computing. 2016. R Foundation for Statistical Computing, Vienna, Austria. Available: http://www.r-project.org/.

20.

Elith J, Graham CH, Anderson RP, Dudı́k M, Ferrier S, Guisan A, et al. Novel methods improve prediction of species’ distributions from occurrence data. Ecography. 2006; 29: 129–151. doi: 10.1111/j.
2006.0906–7590.04596.x

21.

Kaschner K, Schneider B, Garilao C, Kesner-Reyes K, Rius-Barile J, Froese R, editors. AquaMaps
Environmental Dataset: Half-Degree Cells Authority File (HCAF). 2013; ver. 5: World Wide Web electronic publication. Available: www.aquamaps.org/envdata/main.php.

22.

Schofield PJ, Morris JA, Langston JN, Fuller PL. Pterois volitans/miles Fact Sheet. USGS Nonindigenous Aquatic Species Database, Gainesville, FL. 2015. Available: http://nas.er.usgs.gov/queries/
FactSheet.aspx?speciesID=963.

23.

Evangelista PH, Young NE, Schofield PJ, Jarnevich CS. Modeling suitable habitat of invasive red lionfish Pterois volitans (Linnaeus, 1758) in North and South America’s coastal waters. Aquat Invas. 2016;
11(3): 313–326. doi: 10.3391/ai.2016.11.3.09

24.

Robin X, Turck N, Hainard A, Tiberti N, Lisacek F, Sanchez J-C, et al. pROC: an open-source package
for R and S+ to analyze and compare ROC curves. BMC Bioinform. 2011; 12: 77. doi: 10.1186/14712105-12-77 PMID: 21414208

25.

Coutts ADM, Moore KM, Hewitt CL. Ships’ sea chest: an overlooked transfer mechanism for non-indigenous marine species? Mar Pollut Bull. 2003; 46: 1510–1513. doi: 10.1016/S0025-326X(03)00292-3
PMID: 14607550

26.

Mito S, Uchida K. On the egg development and hatched larvae of a scorpaenid fish, Pterois lunulata
Temminck et Schlegel. Sci Bull Fac Agric, Kyushu University. 1958; 16: 381–385.

27.

Imamura H, Yabe M. Larval record of a red firefish, Pterois volitans, from Northwestern Australia
(Pisces: Scorpaeniformes). Bull Fac Fish Hokkaido University. 1996; 47: 41–46.

28.

Vásquez-Yeomans L, Carrillo L, Morales S, Malca E, Morris JA Jr, Schultz T, et al. First larval record of
Pterois volitans (Pisces: Scorpaenidae) collected from the ichthyoplankton in the Atlantic. Biol Invas.
2011; 13: 2635–2640. doi: 10.1007/s10530-011-9968-z

29.

Ahrenholz DW, Morris JA Jr. Larval duration of the lionfish, Pterois volitans, along the Bahamian Archipelago. Environ Biol Fishes. 2010; 88: 305–309. doi: 10.1007/s10641-010-9647-4

30.

Fishelson L. Ethology and reproduction of pteroid fishes found in the Gulf of Aqaba (Red Sea), especially Dendrochirus brachypterus (Cuvier), (Pteroidae, Teleostei). Pubbl della Stn Zool di Napoli. 1975;
39: 635–656.

31.

Morris JA Jr. The Biology and Ecology of the Invasive Indo-Pacific Lionfish. PhD Thesis, North Carolina State University, Raleigh. 2009. Available: http://repository.lib.ncsu.edu/ir/bitstream/1840.16/
3983/1/etd.pdf.

32.

Gardner PG, Frazer TK, Jacoby CA, Yanong RPE. Reproductive biology of invasive lionfish (Pterois
spp.). Front Mar Sci. 2015; 2: 1–10. doi: 10.3389/fmars.2015.00007

33.

FIN (FishBase Information and Research Group). Reviewed distribution maps for Pterois volitans
(Red lionfish), with modeled year 2100 native range map based on IPCC A2 emissions scenario. 2015;
version of Aug. 2013. Available: www.aquamaps.org.

34.

Poursanidis D. Ecological niche modeling of the invasive lionfish Pterois miles (Bennett, 1828) in the
Mediterranean Sea. 11th Panhellenic Symposium on Oceanography and Fisheries. Mytilene, Greece;
2015. pp. 621–624.

35.

Meister HS, Wyanski DM, Loefer JK, Ross SW, Quattrini AM, Sulak KJ. Further evidence for the invasion and establishment of Pterois volitans (Teleostei: Scorpaenidae) along the Atlantic coast of the
United States. Southeast Nat. 2005; 4: 193–206. doi: 10.1656/1528-7092(2005)004[0193:FEFTIA]2.
0.CO;2

36.

Barker B. Thermal preferences and critical temperature regimes of the Western North Atlantic invasive
Lionfish complex (Pterois spp.). M.Sc. Thesis, Nova Southeastern University. 2015. Available: http://
nsuworks.nova.edu/occ_stuetd.

37.

Kimball ME, Miller JM, Whitfield PE, Hare JA. Thermal tolerance and potential distribution of invasive
lionfish (Pterois volitans/miles complex) on the east coast of the United States. Mar Ecol Prog Ser.
2004; 283: 269–278. doi: 10.3354/meps283269

PLOS ONE | DOI:10.1371/journal.pone.0165584 November 2, 2016

11 / 12

Ballast Water Transfer of Lionfish

38.

Jud ZR, Nichols PK, Layman CA. Broad salinity tolerance in the invasive lionfish Pterois spp. may facilitate estuarine colonization. Environ Biol Fish. 2015; 98(1): 135–143. doi: 10.1007/s10641-014-0242y.

39.

Jud ZR, Layman CA, Lee JA, Arrington DA. Recent invasion of a Florida (USA) estuarine system by
lionfish Pterois volitans/p. miles. Aquat Biol. 2011; 13: 21–26. doi: 10.3354/ab00351

40.

Schofield PJ, Huge DH, Rezek TC, Slone DH, Morris JA Jr. Survival and growth of invasive IndoPacific lionfish at low salinities. Biol Invas. 2015; 10: 333–337. doi: 10.3391/ai.2015.10.3.08

41.

Albins MA, Hixon MA. Worst case scenario: Potential long-term effects of invasive predatory lionfish
(Pterois volitans) on Atlantic and Caribbean coral-reef communities. Environ Biol Fish. 2013; 96:
1151–1157. doi: 10.1007/s10641-011-9795-1

42.

Cerino D, Overton AS, Rice JA, Morris JA Jr. Bioenergetics and trophic impacts of the invasive IndoPacific lionfish. T Am Fish Soc. 2013; 142: 1522–1534. doi: 10.1080/00028487.2013.811098

43.

Johnston MA, Nuttall MF, Eckert RJ, Embesi JA, Sterne TK, Hickerson EL, et al. Rapid invasion of
Indo-Pacific lionfishes Pterois volitans (Linnaeus, 1758) and P. miles (Bennett, 1828) in Flower Garden
Banks National Marine Sanctuary, Gulf of Mexico, documented in multiple data sets. Bioinvas Rec.
2016; 5: 115–122. http://dx.doi.org/10.3391/bir.2016.5.2.09.

44.

Keith I, Dawson T, Collins K, Banks S. Marine invasive species in the Galapagos Marine Reserve: A
case for additional research, improved management, and policy review. In: Galapagos Report 2013–
2014. GNPD, GCREG, CDF and GC. Puerto Ayora, Galapagos, Ecuador; 2015. pp. 83–88.

45.
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Schlöder C, Canning-Clode J, Saltonstall K, Strong EE, Ruiz GM, Torchin ME. The Pacific bivalve
Anomia peruviana in the Atlantic: a recent invasion across the Panama Canal? Aquat Invas. 2013; 8:
443–448. doi: http://dx.doi.org/10.3391/ai.2013.8.4.08

47.

Roche D. Discovery, distribution, and eradication potential of the introduced mud crab, Rhithropanopeus harrasii, in the Panama Canal. M.Sc Thesis. McGill University. 2008. Available: http://www.
collectionscanada.gc.ca/obj/thesescanada/vol1/QMM/TC-QMM-32379.pdf.

PLOS ONE | DOI:10.1371/journal.pone.0165584 November 2, 2016

12 / 12

